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Fast detection of ambient danger is crucial for the survival of biological entities. Previous
studies have shown that threatening information can bias human visual perception and
enhance physiological reactions. It remains to be delineated whether the modulation
of threat on human perceptual and physiological responses can take place below
awareness. To probe this issue, we adopted visual looming stimuli and created two
levels of threat by varying their motion trajectories to the observers, such that the
stimuli could move in a path that either collided with the observers’ heads or just
nearly missed. We found that when the observers could not explicitly discriminate any
difference between the collision and the near-miss stimuli, the visual stimuli on the
collision course appeared larger and evoked greater pupil constrictions than those
on the near-miss course. Furthermore, the magnitude of size overestimation was
comparable to when the impending collision was consciously perceived. Our findings
suggest that threatening information can bias human visual perception and strengthen
pupil constrictions independent of conscious representation of the threat, and imply
the existence of the subcortical visual pathway dedicated to automatically processing
threat-related signals in humans.
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INTRODUCTION
The ability to quickly detect and properly react to potential dangers in the environment is of
evolutionary significance to living organisms. One may have to judge whether a looming ball
will hit him/her in order to make a proper response (e.g., to avoid collision). Threat-related
signals have been found to bias human visual perception and trigger physiological responses.
For example, people are inclined to overestimate the perceived proximity (Cole et al., 2013), size
(Vasey et al., 2012), and duration (Tipples, 2011) of threatening objects, or to underestimate the
time to contact with them (Vagnoni et al., 2012). Observers with fear of heights overestimate
the perceived vertical distances and the sizes of objects when looking down from a high place
(Teachman et al., 2008; Stefanucci and Proffitt, 2009). Furthermore, pictures of threatening stimuli
elicit larger physiological reactions, including enhanced pupil constrictions and skin conductance
responses (SCRs) in comparison with non-threatening ones (Naber et al., 2012; Lapate et al., 2014).
As a type of dynamic threatening information, visual looming stimuli have been observed to
evoke the escape responses in a variety of species (Schiff et al., 1962; Wang and Frost, 1992;
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de Vries and Clandinin, 2012; Yilmaz and Meister, 2013; Temizer
et al., 2015), including human infants (Ball and Tronick, 1971).
A growing body of evidence suggests that the threat content (e.g.,
impending collision) conveyed by the looming stimuli biases
human visual perception and captures attention. For example,
the looming stimuli predominate over receding ones during
binocular rivalry (Parker and Alais, 2007), and they appear larger
than the contracting ones (Whitaker et al., 1999). Moreover, the
looming objects on a collision course with the observers capture
attention more strongly than those on a near-miss course (Lin
et al., 2008).
It remains to be delineated whether the modulation effects
of looming stimuli on visual perception and physiological
reactions have to rely on the conscious representation of the
threatening information. Some previous studies provide clues
to this issue. For instance, the attentional effect induced by
impending collision can be observed without observers’ explicit
discrimination between the collision objects and the near-miss
ones (Lin et al., 2009). It would be reasonable to postulate that
the modulation of looming stimuli on visual perception and
physiological reactions might be automatic and independent of
whether the threat elicited by the looming stimuli is consciously
perceived and explicitly discriminated. To probe this issue, we
used very brief looming stimuli and created two levels of threat by
varying the motion trajectories of the looming stimuli, such that
the effects evoked by the two types of motion trajectories, one
collided with the observers’ heads and the other nearly missed,
could be directly compared. Since the collision stimuli contained
more threatening information than the near-miss ones, it would
be expected that the former would bias visual size perception
more strongly and evoke greater physiological reactions than the
latter. The more critical examination was whether the perceptual
and physiological effects would persist even when the observers




A total of 44 undergraduates and graduates (22 male) with the
mean age of 22.25 (ranging from 19 to 26) received financial
compensation for their participation. All the information about
participants, stimuli, and tasks was summarized in Table 1.
In Experiment 1, 10 observers (5 male) participated in the
size perception and motion trajectory discrimination tasks.
In Experiment 2, 12 observers (6 male) performed the size
perception and motion trajectory discrimination tasks. In
Experiment 3, another 8 observers (4 male) participated in
the two-alternative forced choice (2AFC) tasks on motion
trajectory and speed discrimination. In Experiment 4, a new
group of 8 observers (4 male) participated in the distance
discrimination and the corresponding 2AFC tasks (one of them
also participated in Experiment 1). Seven observers (3 male)
participated in Experiment 5, which includes size perception,
motion trajectory discrimination and location discrimination
tasks (with their pupil sizes recorded). All had normal or
corrected-to-normal vision and gave written, informed consent
in accordance with procedures and protocols approved by the
institutional review board of the Institute of Psychology, Chinese
Academy of Sciences. All observers were naive to the purpose of
the experiments.
Apparatus, Stimuli, and Procedure
Subjects viewed a CRT monitor binocularly from a distance of
50 cm. A chin rest was used to stabilize their head position. The
experimental room had no illumination other than the display
screen. Displays were generated using Matlab (Mathworks)
together with the Psychophysics Toolbox (Brainard, 1997; Pelli,
1997).
The looming sphere simulated a motion from a distance of
350 cm to 175 cm to the observers (Figure 1A), and during
this period it expanded uniformly from a small size (1.32◦)
to the standard size (2.64◦; Figure 1B). In Experiment 1,
the motion duration was 133 ms. The collision sphere had
an initial position 7.57 cm (8.68◦) from the monitor center
and simulated a final impact point 3 cm from the center of
the observers’ heads. Similarly, the near-miss sphere had an
initial position 7.14 cm (8.18◦) from the monitor center and
simulated a final impact point 6 cm from the center of the
observers’ heads. At the end of the looming motion, both the
collision and the near-miss spheres had identical end position
8 cm (9.17◦) from the monitor center. In Experiments 2–5,
two parameters were altered to render the trajectory difference
indistinguishable. Firstly, the motion duration was reduced to
67 ms. Secondly, the initial position of the collision sphere
was 7.43 cm (8.51◦) from the monitor center, simulating
a point of impact 4 cm from the center of the observers’
heads.
In the size perception task, the sphere stayed on the screen
for an extra 200 ms after it reached its maximum size, and
then followed by a comparative circle presented at the center of
TABLE 1 | Summarized experimental settings.
Experiment Participants Stimuli Tasks
1 10 3/6 cm final impact points (gray background) size perception, motion trajectory discrimination
2 12 4/6 cm final impact points (gray background) size perception, motion trajectory discrimination
3 8 4/6 cm final impact points (gray background) 2AFC motion trajectory discrimination, 2AFC speed discrimination
4 8 4/6 cm final impact points (gray background) distance discrimination, 2AFC distance discrimination
5 7 4/6 cm final impact points (black background) size perception, motion trajectory discrimination, location discrimination
(with eye tracking)
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FIGURE 1 | Illustrations of the simulated motion trajectories of the spheres in three-dimensional coordinates (A) and on the screen (B). The dark blue
line represents the collision path and the light blue line represents the near-miss path. The solid lines are the simulated trajectories of the spheres moving from
350 cm to 150 cm from the observers, and the dashed lines are the imaginary trajectories if the spheres continue to move after stillness. S1 and S2 are the
simulated start locations of the collision and the near-miss spheres, respectively.
the screen. The observers were asked to adjust the size of the
comparative circle to match the final size of the sphere presented
before. The perceived size of the sphere was calculated relative
to its standard size. The initial size of the comparative circle
varied from trial to trial (2.40◦–2.87◦) with a step of 0.068◦.
In the motion trajectory discrimination task, one collision or
near-miss sphere was presented in each trial. The observers were
asked to judge whether the sphere collided with their heads or
just nearly missed (subjective judgment task). In 2AFC tasks,
two spheres were presented successively, one on the collision
path, and the other on the near-miss path. The observers
had to judge whose trajectory collided with their heads, the
first one or the second one in the 2AFC motion trajectory
discrimination task, and to judge which one was faster or
nearer to them in the 2AFC speed discrimination and the 2AFC
distance discrimination tasks, respectively. In another task of
distance discrimination, the observers had to judge whether the
successively presented spheres had the same or different distances
from them.
Eye Tracking
We only recorded the observers’ pupil sizes in Experiment
5 where the observers were asked to perform the location
discrimination task. To exclude the influence of the physical
difference of motion trajectories, we included another two
conditions in which the spheres moved in the same trajectories
as in the collision and near-miss conditions, but from the end
point to the starting point, i.e., in a receding manner. Because
of the extreme sensitivity of the pupil to the light, we replaced
the gray background with a black one in Experiment 5. In
each trial, after a variable duration (1500–1900 ms) with a
white fixation cross presented at the center of the screen, a
looming or receding sphere was presented to the left or right
side of the fixation cross with a duration of 67 ms, following
by a 4-s blank interval. The observers were asked to judge the
location of the sphere relative to the fixation cross using the left
and right arrow keys. To maintain an accurate measure of the
pupil size, the observers were required to keep their eyes on
the fixation cross and to refrain from blinking throughout the
trial.
Pupil diameter and two-dimensional eye position of the
left eye were measured with a video-based iView X Hi-Speed
system (SMI, Berlin, Germany). A standard 5-point calibration
was performed at the beginning of each session. Eye tracking
data were acquired at 500 Hz. Trials with unrealistic pupil
size (<0.3 mm or >1.3 mm) and with the pupil size out
of ±3 SDs were excluded from further analysis. There were
20.25% trials on average being excluded in the eye tracking
experiment. The data were resampled in time bins of 40 ms
each. For each subject and each condition, pupil data were
averaged across trials after subtracting the mean pupil diameter
in the 500 ms preceding stimulus onset. Horizontal eye
position data were analyzed in the same way as the pupil
diameter.
There were 80 trials in each of the 2AFC trajectory
discrimination task, 2AFC speed discrimination task and the two
distance discrimination tasks. There were 32 trials per condition
in the remaining tasks.
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RESULTS
Threatening Information Increases
Perceived Object Size Independent of
Conscious Perception
In Experiment 1, the observers could well discriminate
the collision sphere from the near-miss one (judgment
accuracy = 62.1% ± 8.0%, 95% Confidence Interval
(CI)= [56.3%, 67.8%], t(9)= 4.757, p= 0.001, d= 1.504, JZS-BF
[alternative/null]= 44.553, mean sensitivity d′ = 0.683± 0.532).
JZS-BF is Jeffrey-Zellner-Siow Bayes factor with Cauchy
distribution on effect size and is the probability of the data
under one hypothesis relative to that under another hypothesis
(Rouder et al., 2009; Vadillo et al., 2016). The odds of alternative
versus null hypothesis were greater than 44:1 favoring the
alternative hypothesis. The collision sphere was perceived to be
significantly larger than the near-miss one (3.682% vs. 2.941%,
F(1,9)= 7.688, p= 0.022, η2p = 0.461; Figure 2A). In Experiment
2, the observers could not discriminate the trajectory difference
any more (50.5% ± 5.4%, 95% CI = [47.1% 54.0%], JZS-BF
[null/alternative] = 4.421, mean sensitivity d′ = 0.036 ± 0.339).
The odds of null versus alternative hypothesis were greater
than 4:1 favoring the null hypothesis. Remarkably, the collision
sphere still appeared larger than the near-miss one (3.409% vs.
2.928%, F(1,11) = 30.858, p < 0.000, η2p = 0.737; Figure 2B). In
Experiment 3, to further confirm the results of Experiment 2, we
asked another group of the observers to perform a 2AFC motion
trajectory discrimination task, and found that the observers
could not discriminate the trajectory difference (53.8% ± 8.4%,
95% CI = [46.7%, 60.8%], JZS-BF [null/alternative] = 1.987).
Moreover, the discrepancy of perceived size in Experiment 2
could not be explained by the differences in speed perception
between the two conditions (52.0% ± 7.7%, 95% CI = [45.6%,
58.5%], JZS-BF [null/alternative] = 3.033,). In Experiment
4, we found that distance perception could not account for
the discrepancy of perceived size between the two conditions
in Experiment 2 (2AFC performance, 52.2% ± 6.5%, 95%
CI = [46.8% 57.6%], JZS-BF [null/alternative] = 2.579; same-
difference judgment, 50.2% ± 8.7%, 95% CI = [42.9%, 57.4%],
JZS-BF [null/alternative] = 3.910). More interestingly, the
perceived size discrepancy of the collision and near-miss
spheres in Experiment 1 and Experiment 2 was not different
from each other [F(1,20) = 0.997, p = 0.330, η2p = 0.047,
Figure 2C], which is in contrast to the observations that
the observers’ motion trajectory discrimination accuracies in
Experiment 1 was significantly higher than those in Experiment 2
[F(1,20) = 16.099, p = 0.001, η2p = 0.446]. Moreover, the
FIGURE 2 | Perceived size of the looming spheres in the threat-perceived (A) and -unperceived (B) conditions, respectively. (C) The perceived size
discrepancies between the collision and near-miss spheres were similar in the two conditions. Perceived size of the looming spheres with black background in the
threat-unperceived condition (D). ∗p < 0.05, ∗∗∗p < 0.001. The error bars represent one standard error of the mean. The perceived size of the sphere was
calculated relative to its standard size.
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observers’ size overestimation effects were not correlated with
their motion trajectory discrimination accuracies [r(22) = 0.248,
p = 0.265]. These results together suggest that the modulation
effect of threat on perceived size is automatic and independent of
conscious perception.
Subliminal Threat Enhances Pupil
Constriction
In Experiment 5, we first replicated the behavioral finding
that the observers could not discriminate the motion trajectory
difference (53.6% ± 10.6%, 95% CI = [43.8% 63.4%], JZS-BF
[null/alternative] = 2.593, mean sensitivity d′ = 0.296 ± 0.756).
The odds of null versus alternative hypothesis were around 3:1
favoring the null hypothesis. The collision sphere was perceived
as significantly larger than the near-miss one (6.078% vs. 5.792%,
F(1,6)= 11.228, p= 0.015, η2p = 0.652; Figure 2D).
The pupil diameters of the observers began to shrink around
300 ms after the onset of the sphere. We found a marginally
significant interaction of presentation mode (looming and
receding) and motion trajectory (collision and near-miss) in the
minimum vertex of pupil diameters [F(1,6) = 5.601, p = 0.056,
η2p = 0.483]. Further analysis showed that the collision sphere
evoked significantly larger pupil constrictions than the near-
miss one in the looming manner (t(6) = –3.309, p = 0.016,
d = –1.251, JZS-BF [alternative/null] = 4.769, Figure 3A).
However, there was no such difference when the spheres moved
in the receding manner (t(6) = –0.230, p = 0.826, JZS-BF
[null/alternative] = 3.613, Figure 3B), even though the receding
spheres had the identical motion trajectories as the looming
spheres. This pattern of results persisted from 340 ms to 820 ms
after the onset of the sphere, as evidenced by a significant
interaction between presentation mode (looming and receding)
and motion trajectory (collision and near-miss), F(1,6) = 5.991,
p = 0.05, η2p = 0.50. Consistently, the collision sphere elicited
significantly larger pupil constrictions than the near-miss one in
the looming manner (t(6) = –3.242, p = 0.018, d = –1.225, JZS-
BF [alternative/null] = 4.446) but not in the receding manner
(t(6) = –0.238, p = 0.820, JZS-BF [null/alternative] = 3.606).
Differences in the pupil diameters between the collision and near-
miss spheres were also tested for statistical significance through
one-tailed non-parametric permutation test based on the t-max
statistic (Blair and Karniski, 1993; Groppe et al., 2011). We
performed the test in the time window of 0 ms to 2000 ms after
the onset of the sphere (5000 permutations, p= 0.05). The results
showed that the collision sphere elicited significantly larger pupil
constrictions than the near-miss one from 570 ms to 1460 ms
after the onset of the sphere in the looming manner (Figure 3C),
but not in the receding manner (Figure 3D). Furthermore,
the difference of pupil diameters between the collision and the
FIGURE 3 | Time courses of pupil diameters in the looming (A) and receding conditions (B) and their corresponding horizontal eye gaze positions (E,F).
Corrected p-value of permutation test of pupil diameter discrepancy between the collision and the near-miss spheres in the two conditions (C,D), respectively. The
gray area indicates the time duration ranging from 340 ms to 820 ms after the onset of the sphere. ∗p < 0.05. The dotted lines represent one standard error of the
mean.
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near-miss spheres in the looming manner was not caused by
horizontal eye gaze difference (t(6) = 0.248, p = 0.812, JZS-
BF [null/alternative] = 3.598; Figure 3E; see Figure 3F for the
receding manner).
DISCUSSION
Previous studies have demonstrated that consciously perceived
threatening information can bias human visual perception in
both spatial and temporal domains. To probe the modulation
of subliminal threat on visual size perception and pupillary
light reflex, we used visual looming stimuli and created
two levels of threat by varying their motion trajectories
in three-dimensional geometric space, such that it could
either collide with the observers’ heads or just nearly miss.
We found that, regardless of whether or not the observers
were aware of the differences between the collision and the
near-miss spheres, the former was perceived as significantly
larger than the latter, and the effect of size overestimation
was comparable between the threat-perceived and the threat-
unperceived conditions. Moreover, the subliminal threat induced
by impending collision elicited greater pupil constrictions.
These results provide evidence that visual looming stimuli can
modulate visual perception and physiological reactions in an
automatic fashion and independent of whether or not the threat
elicited by impending collision of looming stimuli is consciously
perceived.
Converging evidence has shown that size perception
can be biased by threatening information. For example,
circles with a negative picture are estimated to be larger
than circles with a positive or a neutral picture (van Ulzen
et al., 2008). Moreover, observers with fear of heights tend
to overestimate object size when looking down from a high
place (Stefanucci and Proffitt, 2009), and those with spider
phobia often overestimate the sizes of spiders (Vasey et al.,
2012; Shiban et al., 2016). Visual looming stimulus that
implies impending collision looks larger than a receding
one (Whitaker et al., 1999). However, all these effects are
observed when the observers are fully aware of the potential
threat. The current study provides further evidence and
shows that even when the threatening information is not
consciously identified, it can still bias object size perception,
and the amplitude of such misperception is comparable
to the threat-perceived condition. Previous studies have
demonstrated that threatening information, such as a visual
stimulus paired with white noise (Koster et al., 2004) or a
looming stimulus on a collision path (Lin et al., 2008, 2009),
can automatically attract attention, and allocation of spatial
attention onto a visual stimulus can affect its perceived size
(Anton-Erxleben et al., 2007). Therefore, it seems possible
that the effects of threat on size perception and attentional
capture work in tandem to enhance the salience of the
threatening information and guide the observers to make further
actions.
Although the current study does not provide direct evidence
on the possible mechanisms underlying the observed effects,
it is postulated that a specialized subcortical visual pathway
(through the superior colliculus and the pulvinar to the
amygdala) is dedicated to detecting threat-related signals
outside of conscious awareness (Hedger et al., 2015). This
idea has been supported by converging evidence showing
that subliminal threat-related visual stimuli elicit enhanced
neural and physiological responses in comparison with
non-threat stimuli. For example, fearful faces and spider
images have been shown to enhance the amygdala activity
in the absence of visual awareness across a variety of
masking techniques (Whalen et al., 1998; Pasley et al.,
2004; Williams et al., 2004; Jiang and He, 2006; Lipka et al.,
2011), likely through the purported subcortical pathway
(Tamietto and De Gelder, 2010). Visual looming stimuli are
often associated with imminent collision and considered as
potent perceptual indicators of threat. By using the visual
looming stimuli that simulated impending collision with
observers’ heads to elicit threat, the current study resonates
well with and extends previous findings by showing that
the threatening information can be processed independent
of conscious awareness, and thus suggests the existence
of the subcortical visual pathway dedicated to processing
threat-related signals independent of conscious perception in
humans.
It is widely accepted that adjustments of pupil size occur
automatically in response to variations in ambient light to
optimize retinal illumination for visual perception. However,
recently a growing body of evidence has shown that the
pupil not only constricts to physically bright object, but
also to bright illusions (Laeng and Endestad, 2012), and
even to imaginary bright situations (Laeng and Sulutvedt,
2014). Moreover, pupil constrictions as well respond to a
variety of visual attributes besides brightness, including the
inversion effect (Conway et al., 2008; Naber and Nakayama,
2013), novelty (Naber et al., 2013), conspecific faces (Conway
et al., 2008; Ebitz et al., 2014), threatening animals (Naber
et al., 2012), and the sun (Binda et al., 2013; Naber and
Nakayama, 2013). The current study extends the scope of
stimulus properties the pupil responds to, and demonstrates
that it also constricts to subliminal threatening content
conveyed by impending collision. This response pattern should
have adaptive value for survival, because it suggests that
the brain already processes the threatening signals even
before we consciously realize them, which might enable
humans to act fast in fight or flight situations. More
importantly, the combined evidence from previous studies
and the current one suggests that pupil constrictions are
not merely reflexive responses to retinal illumination, but are
also mediated by the automatic visual processing of salient
events in the environment. It has been suggested that the
pupillary light responses are largely mediated by subcortical
non-image forming system (Binda and Murray, 2015), and
the retinocollicular pathway directly connecting the retina
to the superior colliculus and the pulvinar is engaged in
the eye movements in the absence of awareness (Spering
and Carrasco, 2015), which is partially overlapped with that
underlying subconscious processing of threat-related signals.
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This also raises the possibility that the size overestimation and the
pupil constrictions in response to the subconscious impending
collision are two sides of the same coin, and their functional
relationship merits further investigation.
In summary, our results demonstrate that when the observers
could not discriminate any difference between the collision
and the near-miss spheres, the sphere on the collision course
looked larger and elicited greater pupil constrictions than that
on the near-miss course. Moreover, the magnitude of size
overestimation was comparable to that in the threat-perceived
condition. Our findings highlight the functional dissociation
between the pupillary response and the conscious perception of
threat, and imply the existence of the subcortical threat-related
visual pathway in the human brain.
AUTHOR CONTRIBUTIONS
LC and YJ conceived and designed the study. LC conducted the
research and analyzed the data. LC wrote the manuscript, and XY,
QX, YW, and YJ provided critical revisions.
ACKNOWLEDGMENTS
This work was supported by grants from the Strategic Priority
Research Program of the Chinese Academy of Sciences (No.
XDB02010003) and National Natural Science Foundation of
China (No. 31100733, No. 31525011). We are grateful to two
reviewers who provided helpful comments to improve this article.
REFERENCES
Anton-Erxleben, K., Henrich, C., and Treue, S. (2007). Attention changes perceived
size of moving visual patterns. J. Vis. 7:5. doi: 10.1167/7.11.5
Ball, W., and Tronick, E. (1971). Infant responses to impending collision: optical
and real. Science 171, 818–820. doi: 10.1126/science.171.3973.818
Binda, P., and Murray, S. O. (2015). Keeping a large-pupilled eye on high-
level visual processing. Trends Cogn. Sci. 19, 1–3. doi: 10.1016/j.tics.2014.
11.002
Binda, P., Pereverzeva, M., and Murray, S. O. (2013). Pupil constrictions to
photographs of the sun. J. Vis. 13:8. doi: 10.1167/13.6.8
Blair, R. C., and Karniski, W. (1993). An alternative method for significance testing
of waveform difference potentials. Psychophysiology 30, 518–524. doi: 10.1111/
j.1469-8986.1993.tb02075.x
Brainard, D. H. (1997). The psychophysics toolbox. Spat. Vis. 10, 433–436. doi:
10.1163/156856897X00357
Cole, S., Balcetis, E., and Dunning, D. (2013). Affective signals of threat increase
perceived proximity. Psychol. Sci. 24, 34–40. doi: 10.1177/0956797612446953
Conway, C., Jones, B., DeBruine, L., Little, A., and Sahraie, A. (2008). Transient
pupil constrictions to faces are sensitive to orientation and species. J. Vis. 8:17.
doi: 10.1167/8.3.17
de Vries, S. E., and Clandinin, T. R. (2012). Loom-sensitive neurons link
computation to action in the Drosophila visual system. Curr. Biol. 22, 353–362.
doi: 10.1016/j.cub.2012.01.007
Ebitz, R. B., Pearson, J. M., and Platt, M. L. (2014). Pupil size and social vigilance
in rhesus macaques. Front. Neurosci. 8:100. doi: 10.3389/fnins.2014.00100
Groppe, D. M., Urbach, T. P., and Kutas, M. (2011). Mass univariate analysis of
event-related brain potentials/fields I: a critical tutorial review. Psychophysiology
48, 1711–1725. doi: 10.1111/j.1469-8986.2011.01273.x
Hedger, N., Adams, W. J., and Garner, M. (2015). Autonomic arousal and
attentional orienting to visual threat are predicted by awareness. J. Exp. Psychol.
Hum. Percept. Perform. 41, 798–806. doi: 10.1037/xhp0000051
Jiang, Y., and He, S. (2006). Cortical responses to invisible faces: dissociating
subsystems for facial-information processing. Curr. Biol. 16, 2023–2029. doi:
10.1016/j.cub.2006.08.084
Koster, E. H., Crombez, G., Van Damme, S., Verschuere, B., and De Houwer, J.
(2004). Does imminent threat capture and hold attention? Emotion 4, 312–317.
doi: 10.1037/1528-3542.4.3.312
Laeng, B., and Endestad, T. (2012). Bright illusions reduce the eye’s pupil. Proc.
Natl. Acad. Sci. U.S.A. 109, 2162–2167. doi: 10.1073/pnas.1118298109
Laeng, B., and Sulutvedt, U. (2014). The eye pupil adjusts to imaginary light.
Psychol. Sci. 25, 188–197. doi: 10.1177/0956797613503556
Lapate, R., Rokers, B., Li, T., and Davidson, R. (2014). Nonconscious emotional
activation colors first impressions: a regulatory role for conscious awareness.
Psychol. Sci. 25, 349–357. doi: 10.1177/0956797613503175
Lin, J. Y., Franconeri, S., and Enns, J. T. (2008). Objects on a collision path with the
observer demand attention. Psychol. Sci. 19, 686–692. doi: 10.1111/j.1467-9280.
2008.02143.x
Lin, J. Y., Murray, S. O., and Boynton, G. M. (2009). Capture of attention to
threatening stimuli without perceptual awareness. Curr. Biol. 19, 1118–1122.
doi: 10.1016/j.cub.2009.05.021
Lipka, J., Miltner, W. H., and Straube, T. (2011). Vigilance for threat interacts with
amygdala responses to subliminal threat cues in specific phobia. Biol. Psychiatry
70, 472–478. doi: 10.1016/j.biopsych.2011.04.005
Naber, M., Frässle, S., Rutishauser, U., and Einhäuser, W. (2013). Pupil size signals
novelty and predicts later retrieval success for declarative memories of natural
scenes. J. Vis. 13:11. doi: 10.1167/13.2.11
Naber, M., Hilger, M., and Einhäuser, W. (2012). Animal detection and
identification in natural scenes: image statistics and emotional valence. J. Vis.
12:25. doi: 10.1167/12.1.25
Naber, M., and Nakayama, K. (2013). Pupil responses to high-level image content.
J. Vis. 13:7. doi: 10.1167/13.6.7
Parker, A., and Alais, D. (2007). A bias for looming stimuli to predominate
in binocular rivalry. Vis. Res. 47, 2661–2674. doi: 10.1016/j.visres.2007.
06.019
Pasley, B. N., Mayes, L. C., and Schultz, R. T. (2004). Subcortical discrimination of
unperceived objects during binocular rivalry. Neuron 42, 163–172. doi: 10.1016/
S0896-6273(04)00155-2
Pelli, D. G. (1997). The VideoToolbox software for visual psychophysics:
transforming numbers into movies. Spat. Vis. 10, 437–442. doi: 10.1163/
156856897X00366
Rouder, J. N., Speckman, P. L., Sun, D., Morey, R. D., and Iverson, G. (2009).
Bayesian t tests for accepting and rejecting the null hypothesis. Psychon. Bull.
Rev. 16, 225–237. doi: 10.3758/PBR.16.2.225
Schiff, W., Caviness, J. A., and Gibson, J. J. (1962). Persistent fear responses in
rhesus monkeys to the optical stimulus of “looming”. Science 136, 982–983.
doi: 10.1126/science.136.3520.982
Shiban, Y., Fruth, M. B., Pauli, P., Kinateder, M., Reichenberger, J., and
Mühlberger, A. (2016). Treatment effect on biases in size estimation in spider
phobia. Biol. Psychol. doi: 10.1016/j.biopsycho.2016.03.005 [Epub ahead of
print].
Spering, M., and Carrasco, M. (2015). Acting without seeing: eye movements
reveal visual processing without awareness. Trends Neurosci. 38, 247–258. doi:
10.1016/j.tins.2015.02.002
Stefanucci, J. K., and Proffitt, D. R. (2009). The roles of altitude and fear in the
perception of height. J. Exp. Psychol. Hum. Percept. Perform. 35, 424–438.
doi: 10.1037/a0013894
Tamietto, M., and De Gelder, B. (2010). Neural bases of the non-conscious
perception of emotional signals. Nat. Rev. Neurosci. 11, 697–709. doi: 10.1038/
nrn2889
Teachman, B. A., Stefanucci, J. K., Clerkin, E. M., Cody, M. W., and Proffitt, D. R.
(2008). A new mode of fear expression: perceptual bias in height fear. Emotion
8, 296–301. doi: 10.1037/1528-3542.8.2.296
Temizer, I., Donovan, J. C., Baier, H., and Semmelhack, J. L. (2015). A visual
pathway for looming-evoked escape in larval zebrafish. Curr. Biol. 25,
1823–1834. doi: 10.1016/j.cub.2015.06.002
Frontiers in Psychology | www.frontiersin.org 7 December 2016 | Volume 7 | Article 1897
fpsyg-07-01897 November 30, 2016 Time: 12:40 # 8
Chen et al. Subliminal Threat Induces Automatic Reactions
Tipples, J. (2011). When time stands still: fear-specific modulation of temporal bias
due to threat. Emotion 11, 74–80. doi: 10.1037/a0022015
Vadillo, M. A., Konstantinidis, E., and Shanks, D. R. (2016). Underpowered
samples, false negatives, and unconscious learning. Psychon. Bull. Rev. 23,
87–102. doi: 10.3758/s13423-015-0892-r6
Vagnoni, E., Lourenco, S. F., and Longo, M. R. (2012). Threat modulates perception
of looming visual stimuli. Curr. Biol. 22, R826–R827. doi: 10.1016/j.cub.2012.
07.053
van Ulzen, N. R., Semin, G. R., Oudejans, R. R., and Beek, P. J. (2008). Affective
stimulus properties influence size perception and the Ebbinghaus illusion.
Psychol. Res. 72, 304–310. doi: 10.1007/s00426-007-0114-6
Vasey, M. W., Vilensky, M. R., Heath, J. H., Harbaugh, C. N., Buffington, A. G.,
and Fazio, R. H. (2012). It was as big as my head, I swear!: biased spider size
estimation in spider phobia. J. Anxiety Disord. 26, 20–24. doi: 10.1016/j.janxdis.
2011.08.009
Wang, Y., and Frost, B. (1992). Time to collision is signalled by neurons in
the nucleus rotundus of pigeons. Nature 356, 236–238. doi: 10.1038/356
236a0
Whalen, P. J., Rauch, S. L., Etcoff, N. L., McInerney, S. C., Lee, M. B., and Jenike,
M. A. (1998). Masked presentations of emotional facial expressions modulate
amygdala activity without explicit knowledge. J. Neurosci. 18, 411–418.
Whitaker, D., McGraw, P. V., and Pearson, S. (1999). Non-veridical size perception
of expanding and contracting objects. Vis. Res. 39, 2999–3009. doi: 10.1016/
S0042-6989(99)00010-3
Williams, M. A., Morris, A. P., McGlone, F., Abbott, D. F., and Mattingley, J. B.
(2004). Amygdala responses to fearful and happy facial expressions under
conditions of binocular suppression. J. Neurosci. 24, 2898–2904. doi: 10.1523/
JNEUROSCI.4977-03.2004
Yilmaz, M., and Meister, M. (2013). Rapid innate defensive responses of mice
to looming visual stimuli. Curr. Biol. 23, 2011–2015. doi: 10.1016/j.cub.2013.
08.015
Conflict of Interest Statement: The authors declare that the research was
conducted in the absence of any commercial or financial relationships that could
be construed as a potential conflict of interest.
Copyright © 2016 Chen, Yuan, Xu, Wang and Jiang. This is an open-access article
distributed under the terms of the Creative Commons Attribution License (CC BY).
The use, distribution or reproduction in other forums is permitted, provided the
original author(s) or licensor are credited and that the original publication in this
journal is cited, in accordance with accepted academic practice. No use, distribution
or reproduction is permitted which does not comply with these terms.
Frontiers in Psychology | www.frontiersin.org 8 December 2016 | Volume 7 | Article 1897
